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To investigate the climate impacts on the different components of ecosystem respiration, we combined
soil efﬂux data from a tree-girdling experiment with eddy covariance CO2 ﬂuxes in a Mediterranean
maritime pine (Pinus pinaster) forest in Central Italy. 73 trees were stem girdled to stop the ﬂux of
photosynthates from the canopy to the roots, and weekly soil respiration surveys were carried out for
one year. Heterotrophic respiration (RH) was estimated from the soil CO2 ﬂux measured in girdled plots,
and rhizosphere respiration (RAb) was calculated as the difference between respiration from controls (RS)
and girdled plots (RH).
Results show that the RS dynamics were clearly driven by RH (average RH/RS ratio 0.74). RH predictably
responded to environmental variables, being predominantly controlled by soil water availability during
the hot and dry growing season (MayeOctober) and by soil temperature during the wetter and colder
months (NovembereMarch). High RS and RH peaks were recorded after rain pulses greater than 10 mm
on dry soil, indicating that large soil carbon emissions were driven by the rapid microbial oxidation of
labile carbon compounds. We also observed a time-lag of one week between water pulses and RAb peaks,
which might be due to the delay in the translocation of recently assimilated photosynthates from the
canopy to the root system. At the ecosystem scale, total autotrophic respiration (RAt, i.e. the sum of
carbon respired by the rhizosphere and aboveground biomass) amounted to 60% of ecosystem respira-
tion. RAt was predominantly controlled by photosynthesis, and showed high temperature sensitivity (Q10)
only during the wet periods. Despite the fact that the study coincided with an anomalous dry year and
results might therefore not represent a general pattern, these data highlight the complex climatic control
of the respiratory processes responsible for ecosystem CO2 emissions.
© 2015 The Authors. Published by Elsevier Ltd. This is an open access article under the CC BY license
(http://creativecommons.org/licenses/by/4.0/).1. Introduction
The amount of carbon released by ecosystem respiration rep-
resents the second largest CO2 ﬂux after photosynthesis (IPCC,
2013). In order to predict likely changes of the terrestrial carbonEE, net ecosystem exchange;
phic respiration; RAa, above-
respiration; RH, heterotrophic
, Soil water content.
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r Ltd. This is an open access articlebalance under varying environmental conditions, it is funda-
mental to quantify the different sources of the ecosystem CO2
efﬂux and their dependence on biotic and environmental drivers.
The total ﬂux of CO2 released from the ecosystem (Reco) can be
partitioned into soil respiration (RS) and aboveground autotrophic
respiration (RAa). RS can be further partitioned into that origi-
nating from roots and closely associated microorganisms, such as
mycorrhizas (i.e. belowground autotrophic or rhizosphere respi-
ration, RAb) and the ﬂux produced from the decomposition of dead
organic matter (i.e. microbial or heterotrophic respiration, RH) (Eq.
(1), Hanson et al., 2000; Kuzyakov, 2006; Heinemeyer et al.,
2007):Reco¼ RSþ RAa, RS¼ RAbþ RH (1)under the CC BY license (http://creativecommons.org/licenses/by/4.0/).
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with robust and consolidated methods, such as static or dynamic
chamber systems equipped with infrared gas analysers (Davidson
et al., 2002). However, the partitioning of Reco and RS into individ-
ual sources remains a challenging task, for which several tech-
niques have been developed and tested over the past few decades.
Most of these methods cannot be applied to forests since they are
often impractical and/or limited in their spatial and temporal
analysis of the phenomena (for a review, see Hanson et al. (2000)
and Kuzyakov (2006)).
In the past decade, the tree girdling approach has been suc-
cessfully applied to forest ecosystems (Hogberg et al., 2001;
Bhupinderpal-Singh et al., 2003; Subke et al., 2011). The method
is based on the removal of the bark and outer vascular tissues
(phloem) to stop the ﬂow of photosynthates to the roots, which
causes a rapid and strong suppression of root and rhizomicrobial
respiration (Hogberg et al., 2001). Soil respiration measurements
performed on girdled plots after an initial settling-down period can
be used to directly derive RH (Hogberg et al., 2001). Tree-girdling
can lead to an overestimation of the proportion of RH due to
roots' residual respiration and decomposition (Bhupinderpal-Singh
et al., 2003). However, compared to other partition techniques (i.e.
root trenching), girdling has the advantage of preserving the
soileroot structural integrity and the xylematic water transport, so
that soil moisture and temperature are generally unaltered for
several months after the treatment (Kuzyakov, 2006; Ekberg et al.,
2007).
Published results of tree girdling experiments report that the
RAb contribution to RS ranges from 24 to 65% in forest soils across
different biomes and ecosystem types (Hogberg et al., 2001;
Bhupinderpal-Singh et al., 2003; Andersen et al., 2005; Olsson
et al., 2005; Binkley et al., 2006; Frey et al., 2006; Scott-Denton
et al., 2006; Johnsen et al., 2007; H€ogberg et al., 2009; Chen et al.,
2010; Subke et al., 2011; Levy-Varon et al., 2012; Bloemen et al.,
2014). However, most of these girdling experiments have been
performed in boreal, temperate or subtropical forests, and there is a
general lack of information on water-limited environments such as
Mediterranean ecosystems.
Mediterranean forests and shrublands cover an area of about
2.75 million km2 (Rambal, 2001), and are characterised by high
inter-annual climate variability (Luterbacher et al., 2006). Several
studies highlight the fact that soil and ecosystem carbon ﬂuxes in
these ecosystems are strongly affected by the erratic seasonal and
inter-annual distribution of rain events (Valentini et al., 2000;
Almagro et al., 2009; Jongen et al., 2011; Ross et al., 2012; Poulter
et al., 2014). While RS is generally constrained by low soil water
content during summer months, abrupt and large soil CO2 pulses
have been observed after rewetting the dry soil (Birch, 1958; Jarvis
et al., 2007; Inglima et al., 2009; Unger et al., 2012; Matteucci et al.,
2014). These intense emissions can substantially affect the annual
carbon balance and highlight the vulnerability of soil carbon stocks
in these ecosystems (Borken and Matzner, 2009; Moyano et al.,
2013). The Mediterranean climate is expected to be affected by a
reduction in the intensity and distribution of rainfall (Trenberth
et al., 2003; Tebaldi et al., 2006; Christensen et al., 2007;
Trenberth, 2011; IPCC, 2013). The prediction of the impacts of
these climate changes on soil carbon dynamics requires new in-
sights into and observations of the processes and drivers that affect
the different components of respiration.
For this purpose we present the results of a tree girdling
experiment carried out in a Mediterranean maritime pine forest
(Pinus pinaster) in Central Italy, which is equipped with an eddy
covariance micrometeorological tower. Ecosystem ﬂuxes were
analysed together with soil CO2 ﬂuxes throughout the ﬁrst year
following the girdling treatment. The novel combination of thesetwo methodologies allowed us to quantify all the different com-
ponents of ecosystem respiration and to: (1) partition soil ﬂuxes
into their autotrophic and heterotrophic components; (2) partition
total autotrophic respiration (RAt) into above- and belowground
sources; (3) follow the seasonal evolution of the partitioned com-
ponents; (4) analyse in detail the environmental and biological
drivers that affect the response of the different components of Reco.
The study period coincided with a severe drought interspersed
with sporadic rain events. Particular attention was given to the
temporal response of RS to sudden rain pulses.
2. Materials and methods
2.1. Site description
The study site is located in a maritime pine forest in Central Italy
(Tuscany). The experimental area lies within the boundaries of the
Regional Park of San RossoreeMigliarinoeMassaciuccoli
(434304300 N, 10170 1300 E, 6 m a.s.l.), in an almost ﬂat area
(slope< 3%) characterised by the presence of sandy dunes and
located between the Arno and Serchio rivers, 800m inland from the
sea coast.
The area is characterised by a typical Mediterranean climate,
with humid and mild winters and dry and hot summers. The long-
term (1980e2012) mean annual air temperature is 15.35 C, with
the highest value measured in August (24.16 C) and the lowest in
January (7.4 C). Mean annual precipitation (1980e2012) amounts
to 883 mm, 50% of this being concentrated in the autumn months.
The driest month is July with a mean rainfall of 18 mm, while
October and November are the wettest, with 138 mm each. Long-
term climate data were obtained from a meteorological station
(Regional Hydrologic Service of Tuscany) located 10 km from the
study site. Meteorological data have been collected at the ﬂux
tower since the year 2000. The wind regime is characterised by a
seaeland breeze circulation, i.e. the air ﬂows quite predictably from
the West (sea) during the day and from the East (land) during the
night (Fig. 1, inset).
The dominant species is P. pinasterAit., with sparse Pinus pinea L.
and Quercus ilex L. trees. The average stem density is 565 trees ha1,
the average diameter at breast height is 29 cm, and the average
canopy height is 18 m. Ground vegetation is represented by sparse
Erica arborea, Phyllirea angustifolia, Rhamnus alaternus and Myrtus
communis. The vegetation was naturally renovated following a
wildﬁre in 1944 and therefore, at the moment of this study, was 67
years old. Root biomass is concentrated at between 0 and 40 cm.
Total root biomass in the ﬁrst 25 cm of the soil proﬁle is
2.2 kg fresh weight m2, and the root/shoot ratio is 0.18. The water
table depth ranged from 69 cm in April 2011 to 174 cm in November
2011, and can be reached by the taproot of maritime pine (Zenone
et al., 2008).
The soil is a sandy calcareous regosoil with a content of 93%
sand, 4% clay and 3% silt in the ﬁrst 10 cm of the soil proﬁle. The
organic layer has a thickness of 2.7± 0.4 cm, 43.8% soil organic
carbon content, a C/N ratio of 32.5 and a pH of 4.4. The carbon
content and C/N ratio are, respectively, 13.9% and 30 in the upper-
most 1 cm of mineral soil, 1% and 13.5 in 10-cm deep mineral soil.
The annual N deposition is about 12 kg N ha1 (Rosenkranz et al.,
2006).
2.2. Soil respiration measurements
InMarch 2011, six circular plots (20-m diameter) were delimited
at the long-term eddy covariance experimental site of San Rossore.
In order to minimise the impact of the girdling experiment (see
below) on eddy covariance measurements, plots were located at
Fig. 1. Experimental design of soil respiration partitioning study at the San Rossore eddy covariance site. Soil respiration was measured in the central area of six plots (large circles,
20 m diameter) on four ﬁxed-positioned collars (black dots) selected from an initial twelve randomly selected sampling points. On 4 May 2011, all of the trees within three randomly
selected plots (G plots) were stem girdled. Inset: wind rose for 30 min averages of wind measurements with wind speed > 0.5 m s1. Radial bars indicate the frequency distribution
of the wind origin, while the contour line shows average wind speed per direction interval.
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the prevailing wind directions (Fig. 1). Each plot was populated by
an average of 25 maritime pine trees, while ground vegetation was
absent or insigniﬁcant.
The soil CO2 efﬂux was measured on a weekly basis starting
from 4 April 2011within a radius of 2m from the centre of each plot
by means of a portable closed dynamic chamber system (EGM4
analyser with SRC-1 chamber, PP System, Amesbury MA, USA). In
order to optimise the sampling of the spatial variability, four
sampling points were selected in each of the six plots, according to
a stratiﬁed sampling strategy in 12 randomly selected locations
(Rodeghiero and Cescatti, 2008) (Fig. 1). In order to guarantee
repeatability over time, soil respiration measurements were taken
over pre-set ﬁxed-positioned metal collars (10-cm diameter, 5-cm
height) inserted 2 cm into the soil. The portable chamber was
modiﬁed to guarantee an optimal seal with the metal collars, and
the ﬁnal volume (chamber volume plus collar head-space) was
adjusted in the analyser settings. Superﬁcial (0e10 cm) soil water
content (SWC, Trime-HD handheld device with Trime-EZ time
domain reﬂectometry probe, IMKO, Ettlingen, DE) and superﬁcial
(5 cm) soil temperature (STP-1 soil temperature probe, PP System,
Amesbury MA, USA) were recorded for each sampling point at the
time of the soil respiration surveys. Measurements were taken
between 11 a.m. and 3 p.m. (local time). From 4 April 2011 to 31
March 2012, 48 surveys were carried out, for a total of 1152 soil
respiration measurements. A litter trap (0.5-m2 area) was posi-
tioned in the centre of each plot to estimate litter input to the soil.
Litter was collected at the end of each month, and transported to
the laboratory where its dry-weight was calculated. The cumulated
amount of litter in control and girdled plots were 1.1 and
1.3 kg dry weight m2 yr1, respectively (p> 0.05).
2.3. Partitioning soil respiration by tree girdling
On 4 May 2011, three of the original six soil respiration plots
were randomly selected for a tree-girdling experiment (Fig. 1). Allof the trees (73 in total) within the selected plots were stem
girdled: a strip of bark (30 cm width) was removed from the trunk
of the trees at about 1.5-m height, taking special care not to damage
the underlying xylematic tissue. In order to detect short-term ef-
fects, soil respiration was measured every second day on both
girdled and control plots for the ﬁrst week after the girdling
treatment, while the succeeding soil respiration surveys followed
the weekly routine outlined above.
Using the tree-girdling approach, RH was estimated from the soil
CO2 efﬂux measured in girdled plots, while RAb was calculated as
the difference between the respiration from controls (RS) and
girdled plots (RH), according to Eq. (1) (Hogberg et al., 2001;
Bhupinderpal-Singh et al., 2003; Kuzyakov, 2006).
2.4. Ecosystem CO2 ﬂux measurement and partitioning
At the San Rossore experimental site, ﬂuxes of CO2, H2O and
sensible heat were measured continuously on a half-hourly basis
starting from 1999 by means of the eddy covariance technique
(Baldocchi et al., 1988). Net ecosystem CO2 exchange (NEE) was
determined as the covariance between ﬂuctuations in vertical wind
speed (w0) and CO2 concentration (c0):
Fczw0c0; (2)
where the overbar denotes the time average. Measurements were
performed using an open-path infrared gas analyser (IRGA; LI-
7500, Li-Cor, Lincoln NE, USA) and a three-dimensional sonic
anemometer (R3, Gill instruments, Lymington, UK) installed on
top of a retractable mast at a height of 23 m (5 m above the forest
canopy). Raw data were logged at 10 Hz on a local laptop con-
nected to the sonic anemometer by means of EddyMeas software
(Olaf Kolle, www.bgc-jena.mpg.de). Eddy ﬂuxes were calculated
as 30-min averages according to EUROFLUX methodology
(Aubinet et al., 2000). The EdiRe software package (R. Clement,
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micromet/EdiRe) was used for data processing, including fre-
quency and WebbePearmaneLeuning corrections. Half-hourly
data were classiﬁed in three quality classes (QF¼ 0, 1, 2) accord-
ing to the steady state test and the integral turbulence charac-
teristics, as proposed by Foken and Wichura (1996). Data
measured when the theoretical requirements of the eddy covari-
ance technique were not met (QF 2) were discarded. Data were
additionally ﬁltered for friction velocity (u*), and only ﬂuxes
observed during periods with 0.196< u* < 0.948 were further
considered. During the observation period, poor quality and
missing data amounted to 10 and 11%, respectively, while data
discarded after u*-ﬁltering amounted to 21%. On the whole,
coverage with good data amounted to 58%.
Gaps in the dataset were replaced with the online eddy
covariance data gap-ﬁlling and ﬂux-partitioning tool (Reichstein
et al., 2005; see also www.bgc-jena.mpg.de/~MDIwork/eddyproc/
method.php). Using this online tool, the partitioning of the
measured NEE into GPP and Reco is based on a stepwise procedure
and algorithms (Owen et al., 2007). This method derives short-term
temperature-dependent ecosystem respiration from night-time
NEE in order to estimate the parameters of the Lloyd and Taylor
(1994) equation:
Reco ¼ Rref  eE0ðð1=TrefT0Þð1=TairT0ÞÞ; (3)
where Tref is 10 C, T0 is constant (46.02 C), Tair is air temperature,
E0 is the activation energy, and Rref is the reference ecosystem
respiration at 10 C. Estimates for Rref are based on timewindows of
10 days and a step of four days, assuming a constant value for E0
during the year (Reichstein et al., 2005). Reco for each half-hour is
ﬁnally calculated using the values of Rref and the constant E0. GPP is
then obtained as:
GPP ¼ Reco  NEE (4)
Within this study we followed the convention of adopting
positive values for both GPP and Reco. Aboveground autotrophic
respiration (RAa) was calculated by subtracting RS from Reco ﬂuxes
measured at the same time as RS measurements. Subsequently, RAt
was calculated as the sum of RAa and RAb derived from the tree-
girdling partitioning experiment.2.5. Meteorological data and environmental parameters
The soil microclimatology was sampled with a combination of
sensors and loggers in the proximity of the girdling plots to
maintain continuous recording of the SWC vertical proﬁle at 10 cm,
50 cm and 120 cm (Trime-Mux 6, time domain reﬂectometry
probes, IMKO, Ettlingen, DE), soil temperature vertical proﬁle at
3 cm, 15 cm and 50 cm (PT-1000 temperature sensors), and water
table depth (Micro-Diver DI6xxx, Schlumberger Water Services,
Houston TX, USA). Rainfall was measured above the canopy with an
ARG100 rain gauge (Environmental Measurements, North Shields,
UK). Air temperature and relative humidity were measured using a
thermistor and capacitive relative humidity sensor probe (RTF2,
UMS, Munich, DE). The incoming short wavelength solar radiation
and photosynthetic active radiation were measured with a Li-200
Pyranometer (Li-Cor, Lincoln NE, USA) and a sunshine sensor
(BF3, Delta-T, Cambridge, UK).
Half-hourly averages of meteorological and environmental pa-
rameters were stored locally on a datalogging system (DL2e data-
logger, Delta-T, Cambridge, UK).2.6. Data analysis
The differences in soil respiration ﬂuxes, soil water content
(SWC) and soil temperature between girdled and control plots were
statistically tested by two-way repeated measures ANOVA using
girdling treatment and time as independent variables.
The relationship between temperature and respiration ﬂuxes
was ﬁtted using the simple empirical exponential model proposed
by Vant'Hoff:
Rx ¼ R0  ebT ; (5)
where Rx is the measured respiration rate, R0 is the respiration rate
at 0 C, b is a temperature response coefﬁcient, and T is either air or
soil temperature. The temperature sensitivity coefﬁcient describing
the change in respiration caused by a change in temperature of
10 C is deﬁned as:
Q10 ¼
RT0þ10
RT0
; (6)
where RT0 and RT0þ10 are the respiration rates at temperatures T0 and
T0þ10, respectively. Q10 can be estimated from the coefﬁcient b of
regression Equation (5), as follows:
Q10 ¼ e10b: (7)
The temporal evolution of the apparent temper-
atureesensitivity coefﬁcient (Q10) was calculated using a two-
months moving time-window shifted forward one week at a time
until the end of the observation period. We found that the best
ﬁtting of Equation (5) was achieved with the superﬁcial soil tem-
perature (3-cm depth) for belowground ﬂuxes (RS, RH and RAb), and
with air temperature for aboveground respiration (RAa). Therefore,
we used these variables to estimate the Q10 values of the different
partitioned components. The standard error for Q10 values was
calculated according to Boone et al. (1998).3. Results
3.1. Interannual and seasonal climate
The climate at the San Rossore site is historically contextualised
in Fig. 2.With a total annual precipitation of only 584mm, 2011was
the driest year since the establishment of the experimental site
(Fig. 2a). The drought was particularly severe from May to October
2011 (approximately the length of the growing season) with a
cumulated rainfall of 109 mm, 73% lower than the corresponding
long-term average (Fig. 2b). Substantially lower precipitation also
persisted from November 2011 to March 2012, with 258 mm cu-
mulative rainfall, 36% lower than the long-term average. The period
November 2011eMarch 2012 was also the second coldest since the
establishment of the experimental site (Fig. 2c).
The temporal evolution of the main environmental variables
from 1 April 2011 to 31 March 2012 is illustrated in Fig. 3a and b.
Consistent with the typical Mediterranean climate of the region, air
and soil temperatures reached their highest values in August 2011
and their lowest values in February 2012, when an anomalous cold
spell led air temperature to drop by 9 C in a few days. Superﬁcial
volumetric soil water content (SWC at 10-cm depth) was strongly
dependent on rainfall. Extended periods of drought (SWC< 5%)
were recorded from May to October 2011, with scattered precipi-
tation events of intensity> 10 mm day1 transiently raising the
superﬁcial SWC.
Fig. 2. Scatter plots of annual total precipitation versus mean air temperature for the period 1980e2012 (a). Values are split and presented separately for (b) MayeOctober
(approximately the growing season length) and (c) NovembereMarch. Black dots indicate years (2000e2012) since the installation of the eddy covariance system at the experi-
mental site, white dots represent years in the period 1980e1999. Dotted lines represent long-term precipitation and air temperature averages.
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maximum values in June 2011, following the trend in the photo-
synthetic photon ﬂux density (PPFD), and gradually declined with
the onset of the cold season until the February 2012 minimum.
3.2. Partitioning soil respiration into autotrophic and heterotrophic
components
RS in control plots ranged from 0.26 to 0.71 g CO2 m2 h1
during MayeOctober 2011, and from 0.14 to 0.60 g CO2 m2 h1
from November 2011 to March 2012 (Fig. 3c). Large soil CO2
emissions were recorded when rain levels greater than
10 mm day1 fell on the dry soil. A strong suppression of RS was
measured during the cold period of February 2012.
Tree girdling signiﬁcantly reduced the soil carbon efﬂux. The
ﬁrst statistically signiﬁcant difference was recorded on 16 May
2011, 12 days after the girdling treatment, when soil respiration
measured on girdled plots was 24% lower than on the control plots.
The difference between the control and the girdled plots reached
30% after 20 days and 36% after two months, and remained sta-
tistically signiﬁcant throughout thewhole observation period (two-
way repeated measures ANOVA: whole period, F¼ 8.2, p< 0.01;
MayeOctober, F¼ 10, p< 0.01; NovembereMarch, F¼ 4.8,
p< 0.05).Overall, the total amount of CO2 released from the control (RS)
and girdled (RH) plots over the whole observation period approxi-
mated to 872 and 649 g C m2, respectively; this resulted in an
average estimate of RH/RS¼ 0.74 and RAb/RS¼ 0.26 (Table 1).
No signiﬁcant difference in SWC and soil temperature was
observed between the control and the girdled plots throughout the
experiment. The canopy of girdled trees started to show the ﬁrst
signs of yellowing in January 2012, and had dried up almost
completely by the end of June 2012. Nonetheless, during the
observation period, litter input and light and rain interception
within the experimental plots did not show any signiﬁcant differ-
ence between treatments (data not shown).
3.3. Partitioning ecosystem respiration into above- and
belowground respiration
Fig. 4 shows the relative contribution of the different respiratory
components of Reco. RS was the component with the largest tem-
poral variability, ranging from 30 to 40% of Reco during the driest
periods, and up to 60e80% of Reco during the wettest periods. Most
of the variability in the RS/Reco ratio was clearly due to RH, whose
dynamics were in turn principally related to the superﬁcial SWC.
RAb/Reco was less variable, while total autotrophic respiration
(RAt¼ RAaþ RAb) was generally higher during the growing season
Fig. 3. Time series of: (a) mean daily air temperature (T air), mean daily superﬁcial (3 cm) soil temperature (T soil), total daily photosynthetic photon ﬂux density (PPFD); (b) total
daily precipitation (PPT), mean daily superﬁcial (0e10 cm) soil water content (SWC); (c) soil respiration rates measured on control and girdled plots, and estimated belowground
autotrophic respiration (RAb); (d) daily values of net ecosystem exchange (NEE), gross primary productivity (GPP) and ecosystem respiration (Reco). The two vertical dotted lines
delimit the period from the ﬁrst signiﬁcant difference between control and girdled plots (16 May) to 31 October 2011, approximately the length of the growing season. The black
arrow in panel c indicates the date of the tree-girdling treatment (4 May 2011). Error bars are ± SE.
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2011eMarch 2012) (62% and 53% of Reco, respectively). On the
whole, RAt was dominated by RAa, which accounted for 76% of RAt.
Average values of RH/Reco, RAb/Reco and RAa/Reco amounted to 0.41,
0.14 and 0.45, respectively (Table 1).
3.4. Drivers of autotrophic and heterotrophic respiration
3.4.1. The effect of water pulses
RS peaks recorded after rewetting the dry soil were mostly of
heterotrophic origin. For example, on 5 September 2011, after a
cumulated rain input of only 16mm, therewas an abrupt increment
of RH from 0.24 to 0.65 g CO2m2 h1, an increment of 170% relative
to pre-rain values (Fig. 3d). On this occasion, RH contributed up to
95% of RS (Fig. 4), and Reco reached its maximum annual value (1.5 gCO2 m2 h1). RH decreased to pre-rain rates as soon as the up-
permost soil layers dried out again.
RAb peaks after rain pulses were considerably lower. It is worth
highlighting the fact that while RH and RS showed a synchronous
response, RAb peaks were out of phase, lagging behind RH peaks
approximately a week after the rain event (Fig. 5).
In Fig. 6, the difference in respiration rates between consecutive
sampling dates was used as a measure of the short-term variability
of CO2 pulses. We found that during the dry season, sudden RH
changes were linearly related to variations of superﬁcial SWC
(r2¼ 0.88; p< 0.001) (Fig. 6a). However, changes in superﬁcial soil
temperature did not explain RH variations (Fig. 6b). A different
pattern was observed during the colder and wetter part of the
observation period (November 2011eMarch 2012), when variations
in soil temperature were the best descriptors of RH changes
Table 1
Climatic variables and partitioned carbon ﬂuxes measured at the ecosystem and soil
level combining eddy covariance and tree-girdling approaches. Data are presented
for the whole observation period (16 May 2011e31 March 2012) and, separately, for
the warm and dry period (16 Maye31 October 2011, growing season) and the cold
period (1 November 2011e31 March 2012).
Whole period MayeOctober NovembereMarch
Climate
Mean T air (C) 15 21 9
Mean T soil (C) 14 19 9
Mean SWC (%) 6.2 5.1 6.6
PPT (mm) 367 109 258
Integrated ﬂuxes (g C m2)
GPP 1600 1083 517
Reco 1579 1045 534
RS 872 550 322
RH 649 400 249
RAb 223 150 73
RAa 707 495 212
RAt 930 645 285
Fluxes partitioning
RH/RS 0.74 0.73 0.77
RAb/RS 0.26 0.27 0.23
RS/Reco 0.55 0.53 0.60
RH/Reco 0.41 0.38 0.47
RAb/Reco 0.14 0.14 0.14
RAa/Reco 0.45 0.47 0.40
RAt/Reco 0.59 0.62 0.53
RAa/RAt 0.76 0.77 0.74
T air, air temperature; T soil, soil temperature; SWC, superﬁcial (10 cm) soil water
content; PPT, total precipitation; GPP, gross primary productivity; Reco, ecosystem
respiration; RS, total soil respiration; RH, heterotrophic respiration; RAb, below-
ground autotrophic respiration; RAa, aboveground autotrophic respiration; RAt, total
autotrophic respiration.
Fig. 5. Time-lagged cross-correlation analysis between total soil respiration (RS) and
heterotrophic respiration (RH) and between RH and autotrophic belowground respi-
ration (RAb) time series from 16 Maye31 October 2011. The values outside the area
delimited by the dotted lines are signiﬁcant at p< 0.01.
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ingly, short-term changes in respiration of autotrophic origin (RAa
and RAb) were not explained by changes in SWC or temperature.3.4.2. The decoupled control of SWC, temperature and GPP
Partitioned respiration data are plotted separately against SWC
and temperature in Fig. 7. SWC was the best environmental driver
from May to October 2011 (dry season), explaining 53% and 76% of
RS and RH variability, respectively (Fig. 7a). As expected, respiration
rates generally increased with increasing temperatures. Nonethe-
less, the relationship with temperature was signiﬁcant only duringFig. 4. Temporal evolution of the relative contribution of partitioned components of
Reco (coloured areas) and SWC (dotted line) during the observation period (16 May
2011e31 March 2012). The different coloured areas below the bold black line (RS/Reco)
show the contribution of belowground soil components (RH/Reco and RAb/Reco), while
the area above the line represents the contribution of aboveground autotrophic
respiration (RAa/Reco). DOY is day of year.the cold period (November 2011eMarch 2012) when the con-
founding effect of SWC was minimal (Fig. 7ced and Table 2). RS and
RH were the components with the greatest ﬁt (r2¼ 0.93 and 0.88,
respectively), while both RAa and RAb showed aweaker relationship
with temperature.
Despite the fact that the apparent annual temperature sensi-
tivity coefﬁcient (Q10) of all partitioned ﬂuxes was close to the
theoretical value of 2 expected from biochemical assumptions
(Raich and Schlesinger, 1992; Lloyd and Taylor, 1994), temperature
dependencies showed a strong seasonality (Table 2). Very low and
statistically non-signiﬁcant Q10 values were calculated for both RH
and RAt during periods of severe drought (shaded areas in Fig. 8).
Q10 became signiﬁcant and grew as soon as precipitation relieved
the water stress (as in September 2011, DOY 242e270) and during
the coldest and wettest part of the year (Fig. 8).
Throughout the whole observation period (16 May 2011e31
March 2012), RAt had a strong asymptotic relationshipwith recently
assimilated carbon (r2¼ 0.60) (Fig. 9). RAt increased steeply with
GPP up to 1 g CO2m2 h1, while at higher GPP rates therewas little
increment. On the contrary, GPP explained only 28% of RH
variability.4. Discussion
4.1. Soil respiration partitioning by tree girdling
In this study we used the tree-girdling method to estimate
heterotrophic and belowground autotrophic respiration in a Med-
iterranean pine forest in Central Italy during an anomalous dry
period. Our partition study clearly demonstrated that, under these
peculiar eco-climatic conditions, RS was driven by RH, which
accounted for 74% of total belowground respiration. The 30% sup-
pression of soil respiration that we measured on girdled plots 20
days following the treatment was within the 24e65% range re-
ported by other authors across different biomes and ecosystem
types (Hogberg et al., 2001; Bhupinderpal-Singh et al., 2003;
Andersen et al., 2005; Olsson et al., 2005; Binkley et al., 2006; Frey
et al., 2006; Scott-Denton et al., 2006; Johnsen et al., 2007; H€ogberg
et al., 2009; Chen et al., 2010; Subke et al., 2011; Levy-Varon et al.,
2012; Bloemen et al., 2014).
It is commonly acknowledged that tree girdling underestimates
RAb because root starch reserves can still be respired after the
Fig. 6. Relationship between changes in respiration partitioned ﬂuxes vs changes in superﬁcial (3 cm) soil water content (SWC) or temperature during the warm and dry period (16
Maye31 October 2011, a and b) and the cold period (1 November 2011e31 March 2012, c and d). Changes are calculated as the difference between consecutive sampling dates.
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over time (Hogberg et al., 2001; Bhupinderpal-Singh et al., 2003;
Olsson et al., 2005; Ekberg et al., 2007). As these biases are also
inherent to other partitioning approaches, an ideal partitioning
method does not exist (Hanson et al., 2000; Kuzyakov, 2006).
Nonetheless, some considerations can be drawn. If root-starch
consumption accounts for a signiﬁcant part of the CO2 ﬂux from
the girdled plots (and thus erroneously included in RH), the relative
contribution of RAb should substantially increase over time as
starch reserves are depleted (Hogberg et al., 2001; Bhupinderpal-
Singh et al., 2003). However, we found that after an initial phase
lasting approximately one month, the RAb contribution stabilised to
an average of 30% RS throughout the growing season, and gradually
decreased thereafter. This suggests that root-starch reserves were
respired during the ﬁrst weeks following the girdling treatment.
Although the microbial decomposition of roots is expected to in-
crease as roots starve and die, thus also increasing apparent RH, this
is not likely to happen within a short time (Noel, 1970; Frey et al.,
2006). For instance, Ekberg et al. (2007) showed that enhanced
organic matter decomposition occurred after trees began to show
major signs of decay one year after the girdling treatment. More-
over, it should be taken into account that conifer roots are rich in
recalcitrant carbon compounds such as lignin, condensed tannins
and terpenes, which are responsible for slow decomposition rates
(Silver and Miya, 2001). Despite the fact that these potential biases
cannot be ruled out, we can hypothesise that, in contrast to other
partitioning techniques where roots are abruptly excised (i.e.
trenching experiments), girdling does not produce large con-
founding effects in the months immediately following the girdling
treatment. Our conclusions are also supported by an independent
partitioning study performed by means of stable carbon isotopes
within the same experimental site by Albanito et al. (2012) inspring 2011, which showed that roots contributed to 30% RS, while
litter-humus and SOM contributed 33% and 37%, respectively.
4.2. Environmental drivers of partitioned ﬂuxes
The analysis of the seasonal course of temperature sensitivities
highlighted the fact that drought masked the temperature sensi-
tivity of all partitioned components of Reco during most of the
growing season, and that the temperature control was restored as
soon as the water stress was relieved (i.e. at the end of the growing
season and during the cold season). Davidson et al. (2006) sug-
gested that a high variability in temperature sensitivity indicates
that additional factors confound the temperature response, thus
causing inﬂated or suppressed apparentQ10. Thesemay include: (1)
the effect of water content on substrate diffusivity in soil water
ﬁlms, which is expected to affect, above all, microbial respiration,
(2) the availability of substrates supplied by photosynthesis, and (3)
the seasonality of carbon allocation patterns within plant tissues
(Hansen et al., 1997; Bhupinderpal-Singh et al., 2003; Tang et al.,
2005; Davidson et al., 2006).
Q10 values well above the commonly accepted range of 2e2.5
(Raich and Schlesinger, 1992; Atkin et al., 2000) should therefore be
carefully interpreted (Bhupinderpal-Singh et al., 2003; Olsson et al.,
2005; Davidson et al., 2006). For example, it has been suggested by
several authors that rhizosphere respiration apparently has greater
temperature sensitivity than microbial respiration (Boone et al.,
1998; Epron et al., 2001; Ruehr and Buchmann, 2010), as we also
have observed during the interval DOY 242e270 (Fig. 8). Never-
theless, it should be noted that RAb estimated by means of the
girdling approach also accounts for the respiration of rhizosphere
heterotrophs that are closely associated with and inﬂuenced by
roots (such as, for example, ectomycorrhizas (Heinemeyer et al.,
Table 2
Temperature sensitivity (Q10, as described in Eqs. (5)e(7)) of partitioned sources of
soil respiration (RS) and ecosystem respiration (Reco) for the whole observation
period (16 May 2011e31 March 2012) and, separately, for the warm and dry period
(16 Maye31 October 2011, growing season) and the cold period (1 November
2011e31 March 2012). Q10 values are reported only when regression between
temperature and respiration ﬂuxes is signiﬁcant (p< 0.05).
Q10 (±SE) r2 p value
Whole period (n¼ 41)
RS 1.62 (0.11) 0.57 ***
RH 1.51 (0.10) 0.49 ***
RAb 1.99 (0.26) 0.41 ***
RAa 1.75 (0.16) 0.49 ***
RAt 1.75 (0.14) 0.57 ***
MayeOctober (n¼ 23)
RS e e ns
RH e e ns
RAb e e ns
RAa e e ns
RAt e e ns
NovembereMarch (n¼ 18)
RS 3.53 (0.31) 0.93 ***
RH 3.17 (0.34) 0.88 ***
RAb 5.12 (1.62) 0.62 **
RAa 2.53 (0.71) 0.41 **
RAt 2.55 (0.58) 0.52 **
RS, soil respiration; RH, heterotrophic respiration; RAb, belowground autotrophic
respiration; RAa, aboveground autotrophic respiration; RAt, total autotrophic respi-
ration (RAbþ RAa). ns p> 0.05, **p< 0.01,***p< 0.001.
Fig. 7. Relationship between partitioned components of respiration and superﬁcial (3 cm) soil water content (SWC) (a, c) and temperature (b, d) during the warm and dry period (16
Maye31 October 2011, a and b) and the cold period (1 November 2011e31 March 2012, c and d). See also Table 2.
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strongly dependent on substrates supplied by photosynthesis
(Hogberg et al., 2001; Tang et al., 2005). This might also explainwhy
RAt largely contributed to Reco (>60%), especially during the dry
growing season.Fig. 8. Temporal evolution of the apparent temperature sensitivity coefﬁcient (Q10) for
heterotrophic (RH) and total autotrophic (RAt) respiration. Black symbols indicate Q10
values derived from signiﬁcant (p< 0.05) regressions (Eq. (5)). Light grey shaded areas
show extremely dry periods with SWC consistently< 5%. The horizontal dotted line
indicates the global median value of 2.4 for Q10 reported for soil respiration by Raich
and Schlesinger (1992). DOY is day of year.
Fig. 9. Regression analysis between RH and RAt and the GPP ﬂux.
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The San Rossore conifer forest has a typical Mediterranean
climate characterised by extended periods of summer drought
with scattered precipitation events. We found that water
pulses> 10 mm day1 had a quick stimulating effect on RH, that
lasted approximately two to three weeks. This phenomenon has
been observed in several water-limited ecosystems, and is gener-
ally referred to as the “Birch effect” (Birch, 1958, 1959, 1964;
Orchard and Cook, 1983; Jarvis et al., 2007; Inglima et al., 2009;
Unger et al., 2010). Although the biological mechanisms behind
the CO2 pulses are still not fully understood, it is generally
acknowledged that they originate from the rapid increment in the
mineralisation of labile carbon compounds of microbial origin (i.e.
osmoregulatory solutes or dead microbial biomass) and enhanced
availability of previously protected SOM (for a review, see Borken
and Matzner (2009) and Moyano et al. (2013)).
Most of the studies that aimed to identify the sources of the CO2
pulse underlying the “Birch effect” were performed under
laboratory-controlled conditions, precipitation manipulation ex-
periments or indirectly through isotopic approaches. To our
knowledge, our partitioning experiment is the ﬁrst study in natural
ﬁeld conditions to show that the sudden pulses of CO2 from the soil
after rewetting is clearly of heterotrophic origin. This is not sur-
prising, since microbial activity is expected to be concentrated in
the upper layers of the soil proﬁle, and it is therefore exposed to
sudden variations of water availability (Davidson et al., 2006;
Heinemeyer et al., 2007).
Precipitation pulses also exerted a stimulating effect on RAb.
Nonetheless, RAb peaks were considerably weaker than those of RH
and, more importantly, reached their maximal intensity approxi-
mately one week after the precipitation event. A similar delay
(three to four days) in root vs. microbial respiration was recently
observed by Carbone et al. (2011) during a water addition experi-
ment in a Central California pine forest with a Mediterranean-type
climate. This lag could be due to: (1) the time required for water to
inﬁltrate into the soil and reactivate plant photosynthesis (Ogle and
Reynolds, 2004); (2) the time required to transfer photosynthates
recently assimilated after thewater stimulus to the roots (Kuzyakov
and Gavrichkova, 2010). In a recent review, Kuzyakov and
Gavrichkova (2010) found that, for mature trees, the time lag
between photosynthesis and soil CO2 efﬂux is in the order of four
to ﬁve days, and that the transport of assimilates in the phloem is
the rate-limiting process which, in turn, is a function of plant
height.5. Conclusions
In this study we present the results of a novel approach that
combines data from a tree-girdling experiment and from eddy
covariance in order to partition soil and ecosystem respiration into
heterotrophic/autotrophic and above/belowground components.
The anomalous drought during the observation period gave us the
opportunity to disentangle the effects of SWC, temperature and
rain inputs on the partitioned respiratory ﬂuxes. Altogether, our
data highlight that, although the processes responsible for the
release of CO2 from the ecosystemmay be common across different
biomes and ecosystem types, the magnitude by which biotic and
environmental controls affect the ecosystem response may be
signiﬁcantly different. In addition, even within a single ecosystem,
their relative importance is not constant over time but varies ac-
cording to the current ecological conditions and the recent
meteorological-climatic history. A mechanistic understanding of
these processes and their temporal dynamics is therefore funda-
mental to predict the climatic impacts at larger temporal and
spatial scales, and to improve the representation of ecosystem re-
sponses in climate change scenarios.Acknowledgements
The authors would like to thank the editor and two anonymous
reviewers for their constructive comments to improve the manu-
script, Fabrizio Albanito, Jonathan McAllister, Maurizio Teobaldelli
and Terenzio Zenone for root biomass data, the staff of Regional
Park of San Rossore eMigliarino eMassaciuccoli for their constant
and helpful support in carrying out experimental activities, and
Grainne Mulhern for the linguistic revision. The San Rossore mea-
surement station was funded by the European Commission's Joint
Research Centre (JRC); support from the Integrated Carbon Obser-
vation System (ICOS) project (nr. 933) of the JRC is also gratefully
acknowledged.References
Albanito, F., McAllister, J.L., Cescatti, A., Smith, P., Robinson, D., 2012. Dual-chamber
measurements of d13C of soil-respired CO2 partitioned using a ﬁeld-based three
end-member model. Soil Biology and Biochemistry 47, 106e115.
Almagro, M., Lopez, J., Querejeta, J.I., Martínez-Mena, M., 2009. Temperature
dependence of soil CO2 efﬂux is strongly modulated by seasonal patterns of
moisture availability in a Mediterranean ecosystem. Soil Biology and
Biochemistry 41, 594e605.
Andersen, C.P., Nikolov, I., Nikolova, P., Matyssek, R., H€aberle, K.-H., 2005. Estimating
“autotrophic” belowground respiration in spruce and beech forests: decreases
following girdling. European Journal of Forest Research 124, 155e163.
Atkin, O.K., Edwards, E.J., Loveys, B.R., 2000. Response of root respiration to changes
in temperature and its relevance to global warming. New Phytologist 147,
141e154.
Aubinet, M., Grelle, A., Ibrom, A., Rannik, Ü., Moncrieff, J., Foken, T., Kowalski, A.S.,
Martin, P.H., Berbigier, P., Bernhofer, C., Clement, R., Elbers, J., Granier, A.,
Grünwald, T., Morgenstern, K., Pilegaard, K., Rebmann, C., Snijders, W.,
Valentini, R., Vesala, T., 2000. Estimates of the annual net carbon and water
exchange of forests: the EUROFLUX methodology. Advances in Ecological
Research 30, 113e175.
Baldocchi, D.D., Hincks, B.B., Meyers, T.P., 1988. Measuring biosphere-atmosphere
exchanges of biologically related gases with micrometeorological methods.
Ecology 69.
Bhupinderpal-Singh, Nordgren, A., Ottosson Lofvenius, M., Hogberg, M.N.,
Mellander, P.E., Hogberg, P., 2003. Tree root and soil heterotrophic respiration as
revealed by girdling of boreal Scots pine forest: extending observations beyond
the ﬁrst year. Plant, Cell and Environment 26, 1287e1296.
Binkley, D., Stape, J.L., Takahashi, E.N., Ryan, M.G., 2006. Tree-girdling to separate
root and heterotrophic respiration in two Eucalyptus stands in Brazil. Oecologia
148, 447e454.
Birch, H.F., 1958. The effect of soil drying on humus decomposition and nitrogen
availability. Plant and Soil 10, 9e31.
Birch, H.F., 1959. Further observations on humus decomposition and nitriﬁcation.
Plant and Soil 11, 262e286.
M. Matteucci et al. / Soil Biology & Biochemistry 88 (2015) 224e235234Birch, H.F., 1964. Mineralisation of plant nitrogen following alternate wet and dry
conditions. Plant and Soil 20, 43e49.
Bloemen, J., Agneessens, L., Van Meulebroek, L., Aubrey, D.P., McGuire, M.A.,
Teskey, R.O., Steppe, K., 2014. Stem girdling affects the quantity of CO2 trans-
ported in xylem as well as CO2 efﬂux from soil. New Phytologist 201, 897e907.
Boone, R.D., Nadelhoffer, K.J., Canary, J.D., Kaye, J.P., 1998. Roots exert a strong in-
ﬂuence on the temperature sensitivity of soil respiration. Nature 396, 570e572.
Borken, W., Matzner, E., 2009. Reappraisal of drying and wetting effects on C and N
mineralization and ﬂuxes in soils. Global Change Biology 15, 808e824.
Carbone, M.S., Still, C.J., Ambrose, A.R., Dawson, T.E., Williams, A.P., Boot, C.M.,
Schaeffer, S.M., Schimel, J.P., 2011. Seasonal and episodic moisture controls on
plant and microbial contributions to soil respiration. Oecologia 167, 265e278.
Chen, D., Zhang, Y., Lin, Y., Zhu, W., Fu, S., 2010. Changes in belowground carbon in
Acacia crassicarpa and Eucalyptus urophylla plantations after tree girdling. Plant
and Soil 326, 123e135.
Christensen, J.H., Hewitson, B., Busuioc, A., Chen, A., Gao, X., Held, R., Jones, R.,
Kolli, R.K., Kwon, W.K., Laprise, R., Maga~na Rueda, V., Mearns, L.,
Menendez, C.G., R€ais€anen, J., Rinke, A., Sarr, A., Whetton, P., 2007. Regional
climate projections. In: Solomon, S., Qin, D., Manning, M., Chen, Z., Marquis, M.,
Averyt, K.B., Tignor, M., Miller, H.L. (Eds.), Climate Change, 2007: the Physical
Science Basis. Contribution of Working Group I to the Fourth Assessment Report
of the Intergovernmental Panel on Climate Change. Cambridge University Press,
Cambridge, United Kingdom and New York, NY, USA, pp. 847e940.
Davidson, E.A., Janssens, I.A., Luo, Y., 2006. On the variability of respiration in
terrestrial ecosystems: moving beyond Q10. Global Change Biology 12, 154e164.
Davidson, E.A., Savage, K., Verchot, L.V., Navarro, R., 2002. Minimizing artifacts and
biases in chamber-based measurements of soil respiration. Agricultural and
Forest Meteorology 113, 21e37.
Ekberg, A., Buchmann, N., Gleixner, G., 2007. Rhizospheric inﬂuence on soil respi-
ration and decomposition in a temperate Norway spruce stand. Soil Biology and
Biochemistry 39, 2103e2110.
Epron, D., Le Dantec, V., Dufrene, E., Granier, A., 2001. Seasonal dynamics of soil
carbon dioxide efﬂux and simulated rhizosphere respiration in a beech forest.
Tree Physiology 21, 145e152.
Foken, T., Wichura, B., 1996. Tools for quality assessment of surface-based ﬂux
measurements. Agricultural and Forest Meteorology 78, 83e105.
Frey, B., Hagedorn, F., Giudici, F., 2006. Effect of girdling on soil respiration and root
composition in a sweet chestnut forest. Forest Ecology and Management 225,
271e277.
Hansen, J., Türk, R., Vogg, G., Heim, R., Beck, E., 1997. Conifer carbohydrate physi-
ology: updating classical views. In: Rennenberg, H., Eschrich, W., Ziegler, H.
(Eds.), Trees e Contributions to Modern Tree Physiology. Backhuys Publishers,
Leiden, The Netherlands, pp. 97e108.
Hanson, P.J., Edwards, N.T., Garten, C.T., Andrews, J.A., 2000. Separating root and soil
microbial contributions to soil respiration: a review of methods and observa-
tions. Biogeochemistry 48, 115e146.
Heinemeyer, A., Hartley, I.P., Evans, S.P., Carreira De La Fuente, J.A., Ineson, P., 2007.
Forest soil CO2 ﬂux: uncovering the contribution and environmental responses
of ectomycorrhizas. Global Change Biology 13, 1786e1797.
H€ogberg, P., Bhupinderpal, S., L€ofvenius, M.O., Nordgren, A., 2009. Partitioning of
soil respiration into its autotrophic and heterotrophic components by means of
tree-girdling in old boreal spruce forest. Forest Ecology and Management 257,
1764e1767.
Hogberg, P., Nordgren, A., Buchmann, N., Taylor, A.F.S., Ekblad, A., Hogberg, M.N.,
Nyberg, G., Ottosson-Lofvenius, M., Read, D.J., 2001. Large-scale forest girdling
shows that current photosynthesis drives soil respiration. Nature 411, 789e792.
Inglima, I., Alberti, G., Bertolini, T., Vaccari, F.P., Gioli, B., Miglietta, F., Cotrufo, M.F.,
Peressotti, A., 2009. Precipitation pulses enhance respiration of Mediterranean
ecosystems: the balance between organic and inorganic components of
increased soil CO2 efﬂux. Global Change Biology 15, 1289e1301.
IPCC, 2013. Climate Change 2013: the Physical Science Basis. Contribution of
Working Group I to the Fifth Assessment Report of the Intergovernmental Panel
on Climate Change. Cambridge University Press, Cambridge, United Kingdom
and New York, NY, USA, p. 1535.
Jarvis, P., Rey, A., Petsikos, C., Wingate, L., Rayment, M., Pereira, J., Banza, J., David, J.,
Miglietta, F., Borghetti, M., others, 2007. Drying and wetting of Mediterranean
soils stimulates decomposition and carbon dioxide emission: the “Birch effect”.
Tree Physiology 27, 929e940.
Johnsen, K., Maier, C., Sanchez, F., Anderson, P., Butnor, J., Waring, R., Linder, S., 2007.
Physiological girdling of pine trees via phloem chilling: proof of concept. Plant,
Cell and Environment 30, 128e134.
Jongen, M., Pereira, J.S., Aires, L.M.I., Pio, C.A., 2011. The effects of drought and
timing of precipitation on the inter-annual variation in ecosystem-atmosphere
exchange in a Mediterranean grassland. Agricultural and Forest Meteorology
151, 595e606.
Kuzyakov, Y., 2006. Sources of CO2 efﬂux from soil and review of partitioning
methods. Soil Biology and Biochemistry 38, 425e448.
Kuzyakov, Y., Gavrichkova, O., 2010. Time lag between photosynthesis and carbon
dioxide efﬂux from soil: a review of mechanisms and controls. Global Change
Biology 16, 3386e3406.
Levy-Varon, J.H., Schuster, W.S.F., Grifﬁn, K.L., 2012. The autotrophic contribution to
soil respiration in a northern temperate deciduous forest and its response to
stand disturbance. Oecologia 169, 211e220.
Lloyd, J., Taylor, J.A., 1994. On the temperature dependence of soil respiration.
Functional Ecology 315e323.Luterbacher, J., Xoplaki, E., Casty, C., Wanner, H., Pauling, A., Küttel, M.,
Rutishauser, T., Br€onnimann, S., Fischer, E., Fleitmann, D., Gonzalez-Rouco, F.J.,
García-Herrera, R., Barriendos, M., Rodrigo, F., Gonzalez-Hidalgo, J.C., Saz, M.A.,
Gimeno, L., Ribera, P., Brunet, M., Paeth, H., Rimbu, N., Felis, T., Jacobeit, J.,
Dünkeloh, A., Zorita, E., Guiot, J., Türkes, M., Alcoforado, M.J., Trigo, R.,
Wheeler, D., Tett, S., Mann, M.E., Touchan, R., Shindell, D.T., Silenzi, S.,
Montagna, P., Camuffo, D., Mariotti, A., Nanni, T., Brunetti, M., Maugeri, M.,
Zerefos, C., Zolt, S.D., Lionello, P., Nunes, M.F., Rath, V., Beltrami, H., Garnier, E.,
Ladurie, E.L.R., 2006. Mediterranean climate variability over the last centuries: a
review. In: Lionello, P., Malanotte-Rizzoli, P., Boscolo, R. (Eds.), The Mediterra-
nean Climate: an Overview of the Main Characteristics and Issues. Elsevier,
London, pp. 27e148.
Matteucci, M., Gruening, C., Goded Ballarin, I., Cescatti, A., 2014. Soil and ecosystem
carbon ﬂuxes in a Mediterranean forest during and after drought. Agrochimica
58, 91e115.
Moyano, F.E., Manzoni, S., Chenu, C., 2013. Responses of soil heterotrophic respi-
ration to moisture availability: an exploration of processes and models. Soil
Biology and Biochemistry 59, 72e85.
Noel, A.R.A., 1970. The girdled tree. Botanical Review 36, 162e195.
Ogle, K., Reynolds, J.F., 2004. Plant responses to precipitation in desert ecosystems:
integrating functional types, pulses, thresholds, and delays. Oecologia 141,
282e294.
Olsson, P., Linder, S., Giesler, R., Hogberg, P., 2005. Fertilization of boreal forest re-
duces both autotrophic and heterotrophic soil respiration. Global Change
Biology 11, 1745e1753.
Orchard, V.A., Cook, F.J., 1983. Relationship between soil respiration and soil
moisture. Soil Biology and Biochemistry 15, 447e453.
Owen, K.E., Tenhunen, J., Reichstein, M., Wang, Q., Falge, E., Geyer, R., Xiao, X.,
Stoy, P., Ammann, C., Arain, A., Aubinet, M., Aurela, M., Bernhofer, C.,
Chojnicki, B.H., Granier, A., Gruenwald, T., Hadley, J., Heinesch, B., Hollinger, D.,
Knohl, A., Kutsch, W., Lohila, A., Meyers, T., Moors, E., Moureaux, C.,
Pilegaard, K., Saigusa, N., Verma, S., Vesala, T., Vogel, C., 2007. Linking ﬂux
network measurements to continental scale simulations: ecosystem carbon
dioxide exchange capacity under non-water-stressed conditions. Global Change
Biology 13, 734e760.
Poulter, B., Frank, D., Ciais, P., Myneni, R.B., Andela, N., Bi, J., Broquet, G.,
Canadell, J.G., Chevallier, F., Liu, Y.Y., Running, S.W., Sitch, S., van der Werf, G.R.,
2014. Contribution of semi-arid ecosystems to interannual variability of the
global carbon cycle. Nature 509, 600e603.
Raich, J.W., Schlesinger, W.H., 1992. The global carbon dioxide ﬂux in soil respi-
ration and its relationship to vegetation and climate. Tellus, Series B 44 B,
81e99.
Rambal, S., 2001. Hierarchy and productivity of Mediterranean-type ecosystems. In:
Roy, J., Saugier, B., Mooney, H.A. (Eds.), Terrestrial Global Productivity. Academic
Press, San Diego, USA, pp. 315e344.
Reichstein, M., Falge, E., Baldocchi, D., Papale, D., Aubinet, M., Berbigier, P.,
Bernhofer, C., Buchmann, N., Gilmanov, T., Granier, A., Grünwald, T.,
Havrankova, K., Ilvesniemi, H., Janous, D., Knohl, A., Laurila, T., Lohila, A.,
Loustau, D., Matteucci, G., Meyers, T., Miglietta, F., Ourcival, J.-M., Pumpanen, J.,
Rambal, S., Rotenberg, E., Sanz, M., Tenhunen, J., Seufert, G., Vaccari, F., Vesala, T.,
Yakir, D., Valentini, R., 2005. On the separation of net ecosystem exchange into
assimilation and ecosystem respiration: review and improved algorithm. Global
Change Biology 11, 1424e1439.
Rodeghiero, M., Cescatti, A., 2008. Spatial variability and optimal sampling strategy
of soil respiration. Forest Ecology and Management 255, 106e112.
Rosenkranz, P., Brüggemann, N., Papen, H., Xu, Z., Seufert, G., Butterbach-Bahl, K.,
2006. N2O, NO and CH4 exchange, and microbial N turnover over a Mediter-
ranean pine forest soil. Biogeosciences 3, 121e133.
Ross, I., Misson, L., Rambal, S., Arneth, A., Scott, R.L., Carrara, A., Cescatti, A.,
Genesio, L., 2012. How do variations in the temporal distribution of rainfall
events affect ecosystem ﬂuxes in seasonally water-limited Northern Hemi-
sphere shrublands and forests? Biogeosciences 9, 1007e1024.
Ruehr, N.K., Buchmann, N., 2010. Soil respiration ﬂuxes in a temperate mixed forest:
seasonality and temperature sensitivities differ among microbial and rooter-
hizosphere respiration. Tree Physiology 30, 165e176.
Scott-Denton, L.E., Rosenstiel, T.N., Monson, R.K., 2006. Differential controls by
climate and substrate over the heterotrophic and rhizospheric components of
soil respiration. Global Change Biology 12, 205e216.
Silver, W.L., Miya, R.K., 2001. Global patterns in root decomposition: comparisons of
climate and litter quality effects. Oecologia 129, 407e419.
Subke, J.-A., Voke, N.R., Leronni, V., Garnett, M.H., Ineson, P., 2011. Dynamics and
pathways of autotrophic and heterotrophic soil CO2 efﬂux revealed by forest
girdling. Journal of Ecology 99, 186e193.
Tang, J., Baldocchi, D.D., Xu, L., 2005. Tree photosynthesis modulates soil respiration
on a diurnal time scale. Global Change Biology 11, 1298e1304.
Tebaldi, C., Hayhoe, K., Arblaster, J.M., Meehl, G.A., 2006. Going to the extremes.
Climatic Change 79, 185e211.
Trenberth, K.E., 2011. Changes in precipitation with climate change. Climate
Research 47.
Trenberth, K.E., Dai, A., Rasmussen, R.M., Parsons, D.B., 2003. The changing char-
acter of precipitation. Bulletin of the American Meteorological Society 84,
1205e1217.
Unger, S., Maguas, C., Pereira, J.S., David, T.S., Werner, C., 2010. The inﬂuence of
precipitation pulses on soil respiration e assessing the “Birch effect” by stable
carbon isotopes. Soil Biology and Biochemistry 42, 1800e1810.
M. Matteucci et al. / Soil Biology & Biochemistry 88 (2015) 224e235 235Unger, S., Maguas, C., Pereira, J.S., David, T.S., Werner, C., 2012. Interpreting post-
drought rewetting effects on soil and ecosystem carbon dynamics in a Medi-
terranean oak savannah. Agricultural and Forest Meteorology 154, 9e18.
Valentini, R., Matteucci, G., Dolman, A.J., Schulze, E.D., Rebmann, C., Moors, E.J.,
Granier, A., Gross, P., Jensen, N.O., Pilegaard, K., Lindroth, A., Grelle, A.,
Bernhofer, C., Grunwald, T., Aubinet, M., Ceulemans, R., Kowalski, A.S., Vesala, T.,
Rannik, U., Berbigier, P., Loustau, D., Gumundsson, J., Thorgeirsson, H., Ibrom, A.,Morgenstern, K., Clement, R., Moncrieff, J., Montagnani, L., Minerbi, S.,
Jarvis, P.G., 2000. Respiration as the main determinant of carbon balance in
European forests. Nature 404, 861e865.
Zenone, T., Morelli, G., Teobaldelli, M., Fischanger, F., Matteucci, M., Sordini, M.,
Armani, A., Ferre, C., Chiti, T., Seufert, G., 2008. Preliminary use of ground-
penetrating radar and electrical resistivity tomography to study tree roots in
pine forests and poplar plantations. Functional Plant Biology 35, 1047e1058.
